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Received 8 January 2005; accepted 14 November 2005AbstractProducing a robust phylogenetic reconstruction for Polychaeta using either morphological or molecular data sets
has proven very difﬁcult. There remain many conﬂicts between morphological analyses and hypotheses based on DNA
data, the latter principally derived from 18S rRNA sequences. For the present study a data set covering a broad range
of polychaete diversity was assembled, including 38 new sequences from 21 species. Besides available 18S rRNA data,
ﬁve additional gene segments were examined: the D1 and D9-10 expansion regions of 28S rRNA, histone H3, snU2
RNA and cytochrome c oxidase subunit I. Maximum parsimony, maximum likelihood and Bayesian analyses were
conducted.
Annelida and Mollusca were reciprocally monophyletic in maximum likelihood analyses, but Polychaeta included a
cephalopod in maximum parsimony analyses, and a patellogastropod in Bayesian analyses. When rooted on the
Mollusca, optimal topologies from maximum likelihood analyses showed a recognisable basal group of taxa, including
Oweniidae, Chaetopteridae and Amphinomidae. The six studied phyllodocidan families plus Orbiniidae (as the sister
group of the scale-worms) formed the next most basal group. All analyses support the inclusion of Echiura, Clitellata
and Siboglinidae within polychaetes. Bayesian analyses show Echiura as the sister group of Capitellidae, in agreement
with previous 18S rRNA results, In contrast, Echiura formed the sister group to Trichobranchidae in maximum
likelihood and maximum parsimony analyses.
Supra-familial groupings consistently recovered within Polychaeta in the analyses are: (i) Terebellida
without Ampharetidae; (ii) Scolecida (excepting Orbiniidae); (iii) Eunicidae, Lumbrineridae and Clitellata; and
(iv) ‘‘Cirratuliformia’’ (including Sternaspidae) plus Sabellidae, Serpulidae and Spionidae.
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The interaction of molecular and morphological
approaches has produced substantial progress in
understanding the deeper phylogeny of most major
invertebrate groups. This is only partly true for theGmbH on behalf of Gesellschaft fu¨r Biologische Systematik. All rights
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clade by molecular analyses (Halanych et al. 1995), have
not been resolved into monophyletic phyla by subse-
quent investigations of 18S ribosomal DNA (Winne-
penninckx et al. 1995; Giribet et al. 2000; Halanych et al.
2002). Polychaeta is a particularly problematic taxon.
Consequently, there has been extensive recent interest in
the group’s membership and higher classiﬁcation from
the perspectives of both morphology (e.g. Bartolomaeus
1995; Nielsen 1995; Eibye-Jacobsen and Nielsen 1996;
Rouse and Fauchald 1997; Rouse and Pleijel 2001, 2003;
Purschke 2002; Bartolomaeus et al. 2005) and DNA
sequencing (e.g. McHugh 1997, 2000; Brown et al. 1999;
Martin 2001; Struck et al. 2002a, b; Bleidorn et al.
2003a, b; Hall et al. 2004).
Discussion about the membership of Polychaeta has
recently focussed on the inclusion of Clitellata (Oligo-
chaeta and Hirudinea), Pogonophora, Vestimentifera
and Echiura. There are good morphological (Purschke
et al. 1993; Westheide 1997; McHugh 2000) and
molecular data (Moon et al. 1996; Erse´us et al. 2000;
Martin 2001; Siddall et al. 2001) that Clitellata forms a
monophyletic group, as do several of its constituent taxa
(Erse´us and Ka¨llersjo¨ 2004).
The division of Annelida into two reciprocally
monophyletic sister groups, Polychaeta and Clitellata,
was maintained by Rouse and Fauchald (1997), Rouse
(1999) and Rouse and Pleijel (2001). In contrast,
Purschke et al. (2000) suggested an unspeciﬁed subclade
of Polychaeta as the sister taxon of Clitellata. Molecular
studies support this suggestion but have not clariﬁed
potential relationships with polychaete subgroups
(McHugh 2000; Martin et al. 2000; Purschke et al.
2000; Rota et al. 2001; Martin 2001; Struck et al.
2002a, b; Bleidorn et al. 2003a, b; Hall et al. 2004; Erse´us
2005).
Taxa previously recognised as the phyla Pogonophora
and Vestimentifera are now generally considered, with
some dissent (Salvini-Plawen 2000), to form a single
clade within the polychaete family Siboglinidae (Barto-
lomaeus 1998; Rouse 2001; Halanych et al. 2001).
Molecular studies generally concur but have not been
able to establish its sister taxon (Halanych et al. 2001;
Halanych 2005; Bleidorn et al. 2003b).
Recent studies by Hessling and Westheide (2002) and
Hessling (2003) on the development of the nervous
system of Bonellia (Echiura) have shown elegantly that
these worms are derived from segmented ancestors and
belong within Annelida. This is supported by molecular
studies (Aguinaldo et al. 1997; McHugh 1997, 2000;
Bleidorn et al. 2003a, b; Hall et al. 2004). Studies using
in situ hybridisation (Hessling and Westheide 1999;
Hessling 2003) strongly suggest that the absence of
segmentation in echiurans is secondary, as the organisa-
tion of characters such as neuronal ganglia and the
organisation of the suboesophageal ganglion is consis-tent with that found in most annelids. This implies
that the trunk is a modiﬁed segmental structure and
not a single large segment. Hessling and Westheide
(1999) suggest that the pattern of the nervous system in
larval and juvenile Echiura is homologous with that
of Annelida. This was supported by Hessling and
Westheide (2002) who used antibodies against the
neurotransmitters serotonin (5-hydroxytryptamine)
and FMRFamide to demonstrate the presence of paired,
discrete repetitive units in the ventral nerve cord during
echiuran larval development. Hessling (2003) used
computer-aided 3-D reconstruction to show that the
organisation of the nervous system is truly metameric,
supported by a corresponding arrangement of periph-
eral nerves. Echiuran cleavage patterns, chaetal forma-
tion and sperm ultrastructure closely resemble those
found in polychaetes (Newby 1940; Franze˙n and
Ferraguti 1992; Pilger 1993). In 18S rRNA analyses,
Echiura is shown as the sister group of the Polychaete
family Capitellidae, with considerable bootstrap support
(Bleidorn et al. 2003a, b; Hall et al. 2004).
While a lot of progress has been made during the past
decade using morphological and/or molecular data to
investigate relationships within the annelidans, many
questions remain. These concern the relationships
among the polychaete annelids, what group is sister to
the Clitellata, and what extant group is the most basal
on the annelid tree. The low resolution of annelid
phylogenies may be due to a rapid radiation of the
group. This has been discussed at length by McHugh
(2000) and Rota et al. (2001). McHugh (2000) com-
mented on the problems with using morphological
characters for interpreting deep annelid relationships.
These include determining homology between character
states and the prevalence of convergence or parallel
secondary losses. Halanych (1998) has argued that the
hypothesised rapid radiation resulted in short internodes
with few informative sites at the molecular level. Over
time, subsequent evolution has led to an erosion of even
this relatively small amount of information (Abouhelf
et al. 1998). This may explain why analyses of single
genes, such as the 18S rRNA data, have not robustly
resolved the branching patterns among annelid lineages.
The solution may be to use combined data from
multiple genes, hoping that phylogenetic signals from
the different data sets will be concordant and noise not
correlated. This strategy has been adopted in the present
study.
Rouse and Fauchald (1997) studied the majority of
the approximately 80 polychaete families, including all
those for which data were available to code most
characters. They separated polychaetes into two main
divisions, Scolecida and Palpata. The latter was divided
into two groups: (i) Aciculata containing Phyllodocida
and Eunicida, and (ii) Canalipalpata containing the
major subclades Sabellida, Terebellida and Spionida.
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ported. Support for the other clades was low, however,
and all were contradicted by at least one of the analyses
of Rouse and Fauchald (1997).
Rouse (1999) added 12 egg and larval characters to
the morphological data matrix. The placement of a
number of families in this analysis differed from the one
in Rouse and Fauchald (1997), particularly where
characters were unweighted. In Rouse and Fauchald
(1997), Chaetopteridae was placed in Spionida, whereas
Rouse (1999) found the family within Sabellida. In
Rouse (1999), Oweniidae was removed from Sabellida
and placed with four minor families not coded by Rouse
and Fauchald (1997), forming a distinct, deep-branching
clade.
An alternative approach in morphological systematics
has been the detailed investigation of particular organs
or tissues, thereby increasing conﬁdence in the homology
hypotheses underlying character state coding. In parti-
cular, investigation of chaetae has been intensive
(Hausen 2005). Bartolomaeus et al. (2005) summarise
arguments for a monophyletic group within the poly-
chaetes that includes all taxa with chaetae in the form of
hooded hooks and uncini. Development and structural
details have been used to sustain the hypothesis of the
homology of the hooked chaetae and uncini in
Oweniidae (Meyer and Bartolomaeus 1996), Arenicoli-
dae (Bartolomaeus and Meyer 1997), Terebellidae and
Sabellidae (Bartolomaeus 1995), and Pogonophora
(Bartolomaeus 1995). Schweigkoﬂer et al. (1998) in-
vestigated the formation of hooded hooks in capitellids
and suggested that they are homologous to these hooked
chaetae.
No substantial DNA sequence data set unequivocally
supports monophyly of any of the major clades deﬁned
by Rouse and Fauchald (1997) or the ‘‘hooked chaetae’’
clade discussed in detail by Bartolomaeus et al. (2005).
However, some groups within these clades have found
support with increases in the number of the available
18S rRNA sequences, especially following the addition
of large data sets for Eunicida (Struck et al. 2002a, b),
Scolecida (Bleidorn et al. 2003a, b) and Terebellida (Hall
et al. 2004).
Whether the levels of conﬂict between morphological
and molecular inferences regarding polychaete phylo-
geny are as great for other genes as they are for 18S
rRNA is unknown. Data for other genes are relatively
few, Brown et al. (1999) being the only study attempting
a substantial coverage of polychaete diversity prior to
the publication of Jo¨rdens et al. (2004). Brown et al.
(1999) studied two segments of 28S ribosomal RNA,
histone H3 and snU2 RNA. Jo¨rdens et al. (2004)
examined 18S rRNA, part of 28S rRNA and part of
cytochrome c oxidase subunit I, but did not use the same
region of 28S rRNA as Brown et al. (1999). Here, we
augment the non-18S rRNA molecular data for poly-chaetes, compiling sequences from the segments used in
Brown et al. (1999), plus mitochondrial cytochrome c
oxidase subunit I (hereafter abbreviated as COI). This
latter gene is too variable to resolve, by itself, the major
groups in higher-level phylogenetic analyses of poly-
chaetes (Nylander et al. 1999) but may be useful in
combination with other data, or as an adjunct, notably
recovering clitellate monophyly in Jo¨rdens et al. (2004).
New evidence collected for the present compilation
includes data missing in Brown et al. (1999), COI
sequences from taxa not included in Colgan et al.’s
(2001) study of Terebellida, three species not previously
sequenced (one a phoronid), and a new gene segment
scored in Mollusca to broaden the diversity of the
species used as outgroups.Material and methods
Specimen collection and DNA sequencing
Specimens were collected by the second author or as
speciﬁed in Brown et al. (1999), Colgan et al. (2001) or
Hall et al. (2004). Morphological vouchers, ﬁxed in
formalin, were used for identiﬁcation.
DNA extractions for the investigations of Brown
et al. (1999), Colgan et al. (2000, 2001) and Hall et al.
(2004) were used as speciﬁed in Table 1.
PCR was performed on various dilutions of the DNA,
using the primers speciﬁed in Brown et al. (1999), except
that COI was ampliﬁed using the universal primer pair
speciﬁed in Folmer et al. (1994). Ampliﬁcation reactions
were usually prepared to contain 1.0–2.0 units of
QIAGEN Taq PolymeraseTM, 1 QIAGEN PCR
buffer, 200 mM of each dNTP, between 2.5 and
4.5mM MgCl2 (ﬁnal, allowing for the amount in the
QIAGEN buffer), and 0.125 mL of each primer (at a
concentration of 100 pM/mL) in a 50 mL volume.
Negative controls were performed in each reaction
array. Reactions for templates that were difﬁcult to
amplify were modiﬁed by the inclusion of QIAGEN
Q-solutionTM (ﬁnal concentration of 1 ). Repeated
attempts with varied reaction conditions were per-
formed where successful PCRs could not be obtained.
PCR products were visualised on 2% agarose gels
containing ethidium bromide (0.1 mg/40mL). PCR
products were puriﬁed using the QIAquickTM PCR
Puriﬁcation Kit, or using AMPURE magnetic beads
(Agencourt) processed by a liquid handling system
(Corbett Engineering CAS-3800). Direct sequencing
was performed in both directions using the BigDyeTM
version 3 sequencing kit according to manufacturer’s
instructions, except that only 2 mL BigDye reaction mix
was used in the reactions. Sequencing primers (1 mL)
were used at a concentration of 3.2 pM/mL. Reactions
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Seq magnetic beads (Agencourt) on the robot, and run
on an Applied Biosystems (ABI Prism)TM 310 auto-
mated DNA sequencer.Sequence adjustment and alignment
Sequences were edited using Sequence NavigatorTM.
Sequences for each gene fragment were aligned with
ClustalX (Thompson et al. 1997), assuming the follow-
ing values for parameters. The ‘‘slow-accurate’’ algo-
rithm was used for pairwise alignment, with costs
of 10.0 for gap opening and 0.10 for gap extension.
For multiple alignment, the cost for gap opening
was set at 10.0, and gap extension at 0.20, with a
DNA transitions weight of 0.50 and a ‘‘delay divergent
sequences’’ percentage of 30. Manual changes to
restore the alignment of clearly homologous base
positions were made in MacClade (Maddison and
Maddison 1992). This was necessary where an addi-
tional base in a sequence caused the displacement of a
long run of bases when compared to the alignment of
the other taxa. The base was removed from the
alignment where rechecking indicated that its inclusion
was erroneous.Phylogenetic analysis
With some exceptions, taxa were included in the
analysis if data were available for at least four of the six
gene segments under investigation. The polychaete
exceptions were Scololepis which was included as a
second spionid, and the sabellid Amphiglena terebro and
the myzostome as members of families representing
important lineages. Mollusca were included if sequenced
for two or more gene segments, in order to maximise the
number of outgroups. To summarise the results, we
report on three pairs of analyses: maximum parsimony
(MP), maximum likelihood (ML), and Bayesian (BY)
Where third-position data are excluded this is indicated
by ‘‘p3’’ in the analysis designation. Areas of uncertain
alignment in the 28S rRNA sequences were excluded
from all of these analyses, but were included in some
series among the many performed in addition to those
reported here. Optimal trees for all analyses were rooted
using Mollusca as the outgroup.
MP analyses of sequence data were performed using
PAUP* 4.0b10 (Swofford 2001). Parsimony analysis
used a heuristic search with 200 replicates and the
following assumptions: gaps were treated as missing
data; branch swapping used tree-bisection reconnection;
the addition sequence was random; characters were
unordered and unweighted. Bootstrapping was per-
formed using heuristic searches (addition sequence
random; 10 replicates) for 500 pseudosample repetitions.ML analyses were conducted with PAUP*. MOD-
ELTEST (Posada and Crandall 1998) was used to select
a model (based on the Akaike information criterion) for
searches. Heuristic searches were conducted with 20
random addition replicates for ML, and ﬁve for
MLp3. For the ML analysis, the model selected was
(GTR+I+G), with the following settings: estimated
base frequencies (A ¼ 0.2560, C ¼ 0.2227, G ¼ 0.2561,
T ¼ 0.2652); number of substitution types ¼ 6; substitu-
tion rate matrix (A–C: 2.0489, A–G: 3.3309, A–T:
2.7564, C–G: 1.5921, C–T: 7.7006, G–T: 1.0000);
discrete gamma distribution with an a parameter of
0.3738; and proportion of invariant sites 0.2082.
BY analyses were conducted with the programme
MrBayes 3.1 (Huelsenbeck and Ronquist 2001), esti-
mating the likelihood parameters for initial base
frequencies, the number of substitution types and
rates, the shape of the gamma distribution and the
proportion of invariable sites. Likelihood parameters
were estimated separately for each gene (and each
codon position within coding sequences) using a
character partition and the ‘‘unlink’’ command in
MrBayes. Trees were sampled every 100 steps along
a 400,000 step Markov Chain. Four simultaneous
chains were run. To allow for convergence to an area
of stable likelihood (burn-in), the ﬁrst 200,000 steps
were discarded in the BY analysis, and the ﬁrst 150,000
in the BY-p3 analysis.Results
The alignment for the complete data set included 56
taxa with 4023 aligned positions. Regions of uncertain
alignment in the 18S rRNA and 28S rRNA sequences
totalled 558 bases. After excluding areas of uncertain
alignment, the data set had 1218 parsimony-informative
sites and 630 sites that were variable but parsimony-
uninformative. The percentage GC composition includ-
ing all taxa was homogeneous for all gene segments
except COI: for D1 28S rRNA, P ¼ 1:000; for D9-10
rRNA, P ¼ 1:000; for 18S rRNA, P ¼ 1:000; for COI,
P ¼ 0:000; for COI excluding third-base positions,
P ¼ 0:998; for H3, P ¼ 0:656; for H3 excluding third-
base positions, P ¼ 1:0000; and for U2 snRNA,
P ¼ 1:000.
Details of the respective number of bases in the
alignments for individual genes are given in Table 2.
This also lists the bootstrap-supported clades in MP
analyses of the individual genes (excluding areas of
uncertain alignment).
Topologies illustrating some of the analyses for
this paper are shown in Figs. 1–3. Fig. 1 shows the
ML tree. Fig. 2 shows the majority rule consensus
tree of the topologies sampled during the BY analysis.
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Table 2. Analyses of individual genes
Analysis Aligned
bases
Uncertain
alignment
Parsimony
informative
Variable Bootstrap-supported clades Trees CI Length
D1 28S
rRNA
377 96 96 56 (Dodecacaria, Cirratulus)-94; 2033 0.403 665
(Lysilla. Amaeana)-90;
(Sigalion, Paralepidonotus)-80
D9-10 28S
rRNA
688 130 186 128 (Anadara, Epitonium)-97; 2200 0.489 1140
((Trichobranchus, Patellogastropoda)-95,
Bonellia)-75; (Dodecacaria, Cirratulus)-65;
(((Lysilla. Amaeana)-93, A. harpa)-87,
Amphitritides)-57; (Sigalion, Paralepidonotus)-
68,
Phylo)-92; (Marphysa, Eunice)-89
Histone 299 – 22 125 (Trichomya, Mytilus)-94; (Lysilla, Amaeana)-
98;
400 0.205 1226
H3 (Marphysa, Eunice)-74;
(Malacoceros, Hyboscolex)-54;
(Liolophura, Ischnochiton)-95
SnU2 136 – 52 26 ((Lysilla, Amaeana)-99, Amphitritides)-61; 12,000 0.387 377
RNA ((Malacoceros, Galeolaria)-99, Amphiglena)-59;
((Lysilla. Amaeana)-99, Amphitritides)-71;
(Sigalion, Paralepidonotus)-97;
(Austrochlea, Ischnochiton, Depressigyra)-59
18S 1981 332 417 338 (Dodecacaria, Cirratulus)-100; 13 0.481 2441
rRNA ((Lysilla, Amphitritides)-59, Pista)-90;
(Sigalion, Paralepidonotus)-100;
(Phyllodoce, Glycera)-90; (Marphysa, Eunice)-
100;
(((Haemadipsa, Glossiphonia)-90,
Cambarincola)-65,
Lumbricus)-94; (Myzostomida, Galeolaria)-75
[a]
COI 542 – 346 61 ((Trichomya, Mytilus)-100, Anadara)-97; 2 0.243 3464
(Dodecacaria, Cirratulus)-87;
(Lysilla, Amaeana)-100;
(Maldanidae, Hyboscolex)-63;
((Cambarincola, Glossiphonia)-83,
Haemadipsa)-65
Columns two to ﬁve give the number of bases in the respective gene alignment, the number excluded from the analysis owing to uncertain alignment,
the number of parsimony informative sites and the number of variable sites that are not parsimony informative. Column six shows the bootstrap
percentages for clades supported by each analysis. The last three columns specify the number of trees found in 100 replicates (keeping at most 200 in
each replicate, with an overall maximum of 12,000), the consistency index (excluding uninformative characters), and the tree length; [a]: these two
taxa have very long branches.
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(Fig. 3). This had a length of 9858 and a consistency
index of 0.324. A single most parsimonious tree was
also found when third-base positions were excluded
(MPp3). This had a length of 6237 and a consistency
index of 0.408.
Annelida and Mollusca were monophyletic in ML
and distinct in all analyses, but Annelida included
Nautilus (Cephalopoda) in MP and MPp3, and
Cellana (Patellogastropoda) in BY and MLp3. In
MPp3, ML and BY, there was a recognisably basal
group of polychaete taxa, consisting of Oweniidae,
Chaetopteridae and Amphinomidae. The sipunculan
and the phoronid were interspersed with these poly-
chaetes in the MPp3 and ML trees. Nautilus and the
myzostome were also included in this basal assemblage
in MPp3. In ML, MPp3 and BY, the next higherbranching clade of polychaetes included the six phyllo-
docidan families and Orbiniidae. In MLp3, Amphi-
nomidae and Oweniidae were basal, with the positions
of Chaetopteridae and Phyllodocida reversed. Poly-
chaetes other than Oweniidae, Chaetopteridae and
Amphinomidae (and Myzostomida in MPp3) were
monophyletic in BY, ML and MPp3.
The basal topology of the MP tree was different from
those obtained by the other analyses. Nautilus, the
clitellates, the sipunculan, the myzostome, Oweniidae
plus Serpulidae formed a clade that was the sister to a
monophyletic group containing all other polychaetes.
The next higher branching clade in this topology
contained most Terebellida and the siboglinid. The
topology of this is likely to be affected by long branch
attraction problems for at least the serpulid and
myzostome.
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Sabellariidae
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Sabellidae
Fauveliopsidae
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Opheliidae
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Fig. 1. Phylogram of maximum likelihood tree rooted on Mollusca. Branch length indicated by scale bar graduated in units of 0.01
changes per site; families identiﬁed by braces to the right of generic names; higher-level groups identiﬁed by brackets; asterisk
indicates that group is not monophyletic; where a named group occurs in multiple regions of the topology this is indicated by ‘‘part’’;
generic names specify the taxon from which most segments were sequenced.
D.J. Colgan et al. / Organisms, Diversity & Evolution 6 (2006) 220–235 227Notable relationships within Polychaeta were ob-
served in a number of analyses. These included (i) the
inclusion of Echiura in Terebellida; (ii) support for the
Phyllodocida, but including Orbiniidae; (iii) ‘‘Cirratuli-
formia’’ (Cirratulidae, Sternaspidae, Fauveliopsidae;sensu Rouse and Pleijel 2003) plus Sabellidae, Sabellari-
idae and Spionidae; and (iv) Scolecida except Orbini-
idae.
The echiuran was shown as the sister group of
Trichobranchus (Trichobranchidae) in all analyses ex-
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Fig. 2. Majority-rule consensus of trees sampled during Metropolis-coupled Monte Carlo Markov Chain simulation for Bayesian
analysis. Tree rooted on Mollusca, except for Cellana; ﬁgures above branches indicate posterior probabilities; families identiﬁed by
braces to the right of generic names; higher-level groups identiﬁed by brackets; asterisk indicates that group is not monophyletic;
where a named group occurs in multiple regions of the topology this is indicated by ‘‘part’’; generic names specify the taxon from
which most segments were sequenced.
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Notomastus (Capitellidae) had a posterior probability of
100%. Conversely, in BYp3, the probability was 100%
for the pairing of Trichobranchus and the echiuran.
When Trichobranchidae were excluded, MP and
MPp3 analyses showed the echiuran as sister group
to Rhinothelepus (Terebellidae).
Three terebellidan families (Ampharetidae, Terebelli-
dae and Trichobranchidae) were included in this study.
With the exception of BY, Ampharetidae were generallyexcluded from Terebellida. Terebellidae and Tricho-
branchidae were generally included with the echiuran in
a monophyletic clade that had moderate bootstrap and
BY support. The siboglinid was also included in this
clade in MP and MPp3 analyses.
The studied ‘‘Cirratuliformia’’ were grouped with
Sabellidae, Sabellariidae and Spionidae in BY. In ML
and MLp3, the group also included Spionidae,
Capitellidae, Serpulidae and Ampharetidae. In BYp3,
a group comprising Cirratuliformia plus Siboglinidae,
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Fig. 3. Phylogram of maximum parsimony tree rooted on Mollusca (except for Nautilus). Bootstrap support percentages greater
than 50 shown above branches; number of changes indicated by scale bar, graduated in units of 10 steps; families identiﬁed by braces
to the right of generic names; higher-level groups identiﬁed by brackets; asterisk indicates that the group is not monophyletic; where
a named group occurs in multiple regions of the topology this is indicated by ‘‘part’’; generic names specify the taxon from which
most segments were sequenced.
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D.J. Colgan et al. / Organisms, Diversity & Evolution 6 (2006) 220–235230Serpulidae, Lumbricidae and both families of Eunicida
was supported by a posterior probability of 69%.
Sternaspidae was shown as the sister group to Fauve-
liopsidae in MPp3, but was more closely related to
members of Sabellida in most other analyses. The
placement of Serpulidae was notably variable in the
analyses, apparently owing to its great difference from
other taxa in the 18S sequence. The family is the sister
group of Trichobranchidae in parsimony analyses of
D1, but is associated with one or more families of the
(Cirratuliformia, Sabellidae, Sabellariidae, Spionidae)
group in other single-gene analyses.
Within Phyllodocida, Orbiniidae was shown as the
sister group to the scale-worms (Sigalionidae and
Polynoidae) in all analyses, with high posterior prob-
abilities in BY and BYp3, but limited bootstrap
support. The association was not due to the dominating
effect of a single gene, as shown in MP analyses of
individual data sets. Orbiniidae were not scored for
D1 28S rRNA. In D9-10 28S rRNA, Orbiniidae was a
sister group to Sigalionidae and Polynoidae with high
bootstrap support, although inspection of sequences
revealed that the scale-worm pair were much more
similar to each other (0.02 Kimura 2-parameter genetic
distance) than either was to Orbiniidae (genetic dis-
tances 0.06 and 0.08, respectively). In histone H3
analyses, Orbiniidae was basal within polychaetes. In
U2 snRNA, Orbiniidae was sister group to Maldanidae
in 56% of MP trees but otherwise not closely associated
with any taxon. In COI analyses, Orbiniidae and
Glyceridae were shown as sisters, and in 18S rRNA,
the orbiniid and sipunculan were sister taxa, but each
with a long branch.
Eunicida was recovered only in MLp3. In some
other analyses (MP, MPp3), Lumbrineridae was sister
to a clade comprising Eunicidae and other families.
Lumbrineridae and Clitellata were sister groups in ML.
Lumbrineridae was the sister group to Lumbricus (but
not the other clitellates) in BYp3. Eunicidae and
Clitellata were sister groups in MPp3.Discussion
The use of multiple genes in the present analysis has
increased the concordance of molecular and morpholo-
gical perspectives on polychaete phylogenetics and the
degree of statistical support for at least some clades,
particularly in the BY analyses. Whilst a great deal of
more investigation is necessary to achieve a satisfactory
understanding of this enigmatic taxon, consideration of
combined molecular analyses in the light of recent
morphological investigations outlines a framework to
direct future investigations. Aspects of this framework
are discussed below.Identifying basal polychaetes
Monophyly of the supposed outgroups to Annelida
was not observed in any of the present analyses.
Annelida and Mollusca were recovered as reciprocally
monophyletic groups in some analyses (e.g. ML; Fig. 1),
but not in others where the patellogastropod Cellana
(BY; Fig. 2) or the cephalopod Nautilus (MP; Fig. 3)
was included in Annelida. Of the two other studied
lophotrochozoan outgroups, the phoronid was some-
times excluded from Annelida (Fig. 1) and sometimes
included (Figs. 2 and 3), and the sipunculan was
generally included. Sipuncula have also been closely
associated with annelid groups in previous analyses of
DNA sequences (Martin 2001; Brown et al. 1999;
Bleidorn et al. 2003a; Hall et al. 2004). Gene order in
the studied section (approximately half) of the mito-
chondrial DNA of the sipunculan Phascolopsis gouldii
(Boore and Staton 2002) is notably similar to that in the
oligochaete Lumbricus terrestris (Boore and Brown
1995), differing only by one inversion and one transpo-
sition. Bartolomaeus and Quast (2005) identify a
‘‘remarkable similarity in the podocyte lining’’ among
Sipuncula, some Sabellida and Terebellida, that they
consider is unlikely to be homoplasious as a result of
functional constraints. Sipuncula may eventually prove
to be a suitable outgroup to Polychaeta in molecular
analyses. To root the current topologies on this group
would, however, imply paraphyly of the Polychaeta with
respect to all other supposed outgroups, a doubtful
proposition if based on only one representative.
In the absence of outgroup monophyly, we have
chosen to root topologies presented herein on the largest
possibly monophyletic clade of Mollusca in each
analysis.
Using Mollusca to root the polychaetes in likelihood
analyses and MPp3 consistently identiﬁes a basal
group of polychaete taxa comprising Chaetopteridae,
Amphinomidae and Oweniidae. The phoronid and
sipunculan were usually included within this group in
an assemblage that was basal to the main polychaete
lineage. The derived position of most polychaetes is
strongly supported, with a BY posterior probability of
98 for the clade including the main lineage and the
phoronid. Other taxa that may need to be studied in
subsequent molecular attempts to resolve relationships
within the basal polychaetes include Aphroditidae,
Chrysopetalidae, and a variety of interstitial poly-
chaetes, especially Diurodrilidae (Worsaae and Kristen-
sen 2005).
The distribution of characters in the three basal taxa
identiﬁed here is, as discussed below, too confusing to
specify which of these taxa is the most basal. One
example, however, may be considered here. Recently,
Chrysopetalidae has been shown to lack the organisa-
tion of body-wall musculature presumed to characterise
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ﬁbres and inner longitudinal ﬁbres) (Tzetlin et al.
2002). Other taxa that lack circular muscle elements
include Oweniidae, Opheliidae, Spionidae, Aphroditi-
dae, scale-worms and several other phyllodocidan
families (Tzetlin et al. 2002). The distribution of this
character is difﬁcult to reconcile with any previously
proposed taxon.
The two main morphological approaches to establish-
ing the root of Polychaeta have been (i) cladistic
analyses (Rouse and Fauchald 1997; Rouse and Pleijel
2001), and (ii) the search for the taxon’s ground plan
using selected characters and considering their particu-
lar evolutionary patterns (Westheide 1997; Purschke
2002). Purschke (2002) and Bartolomaeus et al. (2005)
emphasise that the condition in putative ancestors must
be functional.
By assuming Clitellata as the sister group to
Polychaeta, Rouse and Fauchald (1997) found the
root in their preferred topology to lie between Scolecida
and Palpata. Neither of these clades were, however,
monophyletic in all of their analyses. Rouse and Pleijel
(2001) also treated Clitellata as the sister group to
Polychaeta, with the basal division in Polychaeta being a
polytomy of Scolecida, Aeolosomatidae, Parergordrili-
dae, Psammodrilidae and the remaining taxa (as a
monophyletic clade). As molecular studies have shown
that Clitellata is probably a derived taxon within
Polychaeta, the root cannot be identiﬁed correctly by
this approach.
Investigations of the ground plan have generally not
speciﬁed a root of the overall annelid/polychaete
topology but have indicated a number of families
as possibly basal. Amphinomidae (‘‘traditionally’’;
Westheide 1997) and Oweniidae (Bubko 1973 ﬁde
Westheide 1997) have been regarded as morphologically
primitive by previous authors. Westheide (1997) also
notes the exclusively monociliated nature of the epithelia
of some (but not all) oweniid genera, quoting Rieger’s
opinion (1976) that this character is primitive among the
Spiralia. Salvini-Plawen (2000) suggested that Owenia’s
paedomorphic retention of the juvenile intra-epithelial
nervous system and its possession of a ‘‘deuterostome-
like’’ nephridium in its mitrarian larva (Smith et al.
1987) may possibly be primitive characters.
In the MP analysis of Struck et al. (2002a), one of the
few 18S rRNA studies in which Annelida and Mollusca
were not topologically intermingled, the basal division
in Polychaeta separates Chaetopteridae and the remain-
ing taxa (Oweniidae was not included). The develop-
ment of Chaetopteridae is quite distinct from other
polychaetes during both embryonic (Mead 1897; Rouse
1999) and larval stages (Irvine et al. 1999). However, this
character is not likely to be informative for polychaete
phylogeny as is it most probably an autapomorphy
(Irvine et al. 1999; Rouse 1999).Scolecida and the ‘‘hooked chaetae’’ clade
Scolecida was not strongly supported in the morpho-
logical analyses of Rouse and Fauchald (1997), with
only two synapomorphies supporting the group: pre-
sence of parapodia with similar rami, and presence of
two or more pairs of pygidial cirri. Both characters were
homoplasious. Another homoplasious character (the
presence of sensory ‘‘lateral’’ organs) supports the
monophyly of the taxa scored here. Orbiniidae differ
from all other Scolecida scored here in the possession of
dorsal ﬂat branchiae and an eversible ventral buccal
organ. This organ is axial in the other families scored
here.
Families referred to the Scolecida by Rouse and
Fauchald (1997) have generally exhibited extremely
variable placement in molecular analyses although, with
the exception of Orbiniidae and Questidae (Bleidorn
et al. 2003a; Hall et al. 2004), most are closely related to
each other (Bleidorn et al. 2003a; Persson and Pleijel
2005). The close association of Capitellidae and Mal-
danidae with Scalibregmatidae and Opheliidae was
observed in all present analyses except MPp3 and
MLp3. In the ML analyses of Bleidorn et al. (2003a), a
group of four scolecid families was paired with
Cirratulidae. Arenicolidae and Maldanidae were asso-
ciated with Terebellida in Hall et al. (2004), in agreement
with Brown et al. (1999). Scolecida has never been
recovered in a basal position in molecular analyses.
The concept that there is a monophyletic group within
the polychaetes that includes all taxa with chaetae in
the form of hooded hooks and uncini (Bartolomaeus
et al. 2005) ﬁnds some support in the present analyses.
There is a clear tendency in all of the analyses
for the remnant Scolecida (i.e. excepting Orbiniidae)
to associate with Terebellida, Sabellida, etc. A clade
including all of the scored taxa (except Oweniidae and
Siboglinidae) included in the ‘‘hooked chaetae’’ clade by
Bartolomaeus et al. (2005) was observed in ML.
However, this clade also included scolecidan families
without hooked chaetae (Scalibregmatidae and Ophelii-
dae), and Echiura.Phyllodocida
The results reported here support recognition of the
Phyllodocida (including Orbiniidae). In previous mole-
cular analyses, the taxon Phyllodocida was closest to
recognition in Struck et al. (2002a) where it was
paraphyletic with respect to the clitellates, and in Hall
et al. (2004) where the monophyly of Phyllodocida
excluding Myzostomida was not statistically signiﬁ-
cantly rejected. In most of our analyses (BY, MPp3,
ML), a monophyletic clade including at least six of the
seven scored Phyllodocida was recovered. In ML, this
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highly modiﬁed Myzostomida, although other analyses
agree with Zrzavy´ et al. (2001) in the exclusion of this
group.
Our analyses place Orbiniidae with the scale-worms
Polynoidae and Sigalionidae. Although based on a
more restricted taxonomic sample, analyses of combined
28S and 18S rRNA data by Jo¨rdens et al. (2004) suggest
that Orbiniidae is more closely related to Syllidae
(the sole representative of Phyllodocida) than to
Opheliidae or Capitellidae, the other studied Scolecida.
The possession of aciculae was used to deﬁne one
of the largest clades in Polychaeta by Rouse and
Fauchald (1997). Aciculae were encoded as absent
from Orbiniidae in those authors’ data matrix but
recorded as present in their family descriptions. This was
corrected in the matrix for Rouse (1999), who placed
Orbiniidae in Scolecida. The inclusion of Orbiniidae
in Phyllodocida in the present molecular topologies
suggests that the aciculae of the two taxa may be
homologous. Hausen’s (2005) comprehensive survey
of chaetae in Polychaeta does not, however, specify
whether ﬁne-scale investigation of orbiniid aciculae
supports this inference.‘‘Cirratuliformia’’ and Terebellida
Terebellida has generally been regarded as comprising
ﬁve families (Alvinellidae, Ampharetidae, Pectinariidae,
Terebellidae and Trichobranchidae) (Hatschek 1893;
Hessle 1917; Holthe 1986). Although Ampharetidae is
not associated with the group in the present analyses,
Terebellida is often monophyletic in molecular studies
(Brown et al. 1999; Hall et al. 2004). The concept of
Terebellida was expanded by Rouse and Fauchald
(1997) to include taxa later included in Cirratuliformia,
but there is no evidence in the present data that these
families are more closely related to the traditional
Terebellida than to Sabellidae, Sabellariidae, etc. The
traditional concept of Terebellida is generally supported
by more recent morphological analyses (Glasby et al.
2004).
Echiura is generally included in Terebellida in the
present analyses, usually with strong support, in
contrast to 18S rRNA analyses that strongly support
the hypothesis that echiurans and Capitellidae are
sister groups (Bleidorn et al. 2003a, b; Hall et al.
2004). Echiura was paired with Capitellidae in the
ML analysis and in the combined 18S and 28S rRNA
ML analysis of Jo¨rdens et al. (2004), although the two
taxa are separated in their individual 28S rRNA
analysis.
Sternaspidae was included in ‘‘Cirratuliformia’’ by
Rouse and Pleijel (2003), a suggestion supported by
previous non-18S rRNA molecular analyses (Brownet al. 1999) which placed the family as the sister group to
Fauveliopsidae. 18S rRNA data (Hall et al. 2004)
suggest an alternative association with Lumbrineridae,
although this is not strongly supported by bootstrap
values or Bremer decay indices. Here, the combined data
associate Sternaspidae most closely to Sabellariidae or
Sabellidae, although the family is clearly related to the
‘‘Cirratuliformia’’.Clitellata and Eunicida
Clitellata is sometimes associated with the Lumbri-
neridae or Eunicidae in our analyses (except MP),
but the results are not consistent enough to be conﬁdent
of this placement. Likewise, Clitellata was placed
as the sister group to Lumbineridae in the 18S rRNA
MP analysis of Hall et al. (2004) and in the 18S
rRNA ML analysis of Jo¨rdens et al. (2004). Another
family, Dinophilidae, was included with the serpulid
Galeolaria caespitosa in the sister group to Clitellata in
the likelihood analysis of Hall et al. (2004). The
placement of the serpulid was doubtful owing to its
high divergence from other taxa. Lumbrineridae was
the sister group to (Clitellata+Dinophilidae+Serpuli-
dae). In Struck et al. (2002a), Dinophilidae was included
in the sister group of Clitellata in the strict consensus
of MP trees, although not in ML analyses. The
suggestion of a close association of Clitellata and
Dinophilidae is complicated by the taxonomic uncer-
tainty regarding the latter. A detailed morphological
study by Eibye-Jacobsen and Kristensen (1994) sug-
gested that Dinophilidae would be best classiﬁed within
Dorvilleidae, differences between them being ascribed to
the loss of characters in some species of dinophilids due
to their interstitial life style. Struck et al (2002b)
included seven dorvilleids and four dinophilids in their
analyses. The groups were distinct and, moreover,
Dorvilleidae was neither monophyletic nor closely
related to Clitellata.Envoi
Obtaining robust support for the relationships within
Polychaeta and its potential members or outgroups
using DNA sequence data is likely to require the
sequencing of many additional taxa and multiple
additional genes. This process may take some time. In
the interim, however, sufﬁcient data are now available
to inform the decisions of morphologists as to which
taxa are critical for intensive investigation. This study
suggests, for instance, that Oweniidae, Chaetopteridae
and Amphinomidae are of prime interest for determin-
ing the root of the polychaete tree.
ARTICLE IN PRESS
D.J. Colgan et al. / Organisms, Diversity & Evolution 6 (2006) 220–235 233Acknowledgements
This research was supported by an Australian
Museum Research Centres grant. We are grateful
to Emma Beacham for providing some COI sequences,
and to Denis O’Meally (EBU, AM) for running DNA
reactions on automatic sequencers.References
Abouhelf, E., Zardoya, R., Meyer, A., 1998. Limitations of
metazoan 18S rRNA sequence data: implications for
reconstructing a phylogeny of the animal kingdom and
inferring the reality of the Cambrian explosion. J. Mol.
Evol. 47, 394–405.
Aguinaldo, A.M., Turbeville, J.M., Linford, L.S., Rivera,
M.C., Garey, J.R., Raff, R.A., Lake, J.A., 1997. Evidence
for a clade of nematodes, arthropods and other moulting
animals. Nature 387, 489–493.
Bartolomaeus, T., 1995. Structure and formation of the uncini
in Pectinaria koreni, Pectinaria auricoma (Terebellida) and
Spirorbis spirorbis (Sabellidae): implications for annelid
phylogeny and the position of the Pogonophora. Zoomor-
phology 115, 161–177.
Bartolomaeus, T., 1998. Chaetogenesis in polychaetous
Annelida: signiﬁcance for annelid systematics and the
position of the Pogonophora. Zoology 100, 348–364.
Bartolomaeus, T., Meyer, K., 1997. Development and
phylogenetic signiﬁcance of hooked setae in Arenicolidae
(Polychaeta, Annelida). Invertebr. Biol. 116, 227–242.
Bartolomaeus, T., Quast, B., 2005. Structure and development
of nephridia in Annelida and related taxa. Hydrobiologia
535/536, 139–165.
Bartolomaeus, T., Purschke, G., Hausen, H., 2005. Polychaete
phylogeny based on morphological data – a comparison of
current attempts. Hydrobiologia 535/536, 1–16.
Bleidorn, C., Vogt, L., Bartolomaeus, T., 2003a. New insights
into polychaete phylogeny (Annelida) inferred from 18S
rDNA sequences. Mol. Phylogenet. Evol. 29, 279–288.
Bleidorn, C., Vogt, L., Bartolomaeus, T., 2003b. A contribu-
tion to polychaete phylogeny using 18S rDNA sequence
data. J. Zool. Syst. Evol. Res. 46, 186–195.
Boore, J.L., Brown, W.M., 1995. Complete DNA sequence of
the mitochondrial genome of the annelid worm, Lumbricus
terrestris. Genetics 141, 305–319.
Boore, J.L., Staton, J.L., 2002. The mitochondrial genome of
the sipunculid Phascolopsis gouldii supports its association
with Annelida rather than Mollusca. Mol. Biol. Evol. 19,
127–137.
Borda, E., Siddall, M.E., 2004. Arhynchobdellida (Annelida:
Oligochaeta: Hirudinida): phylogenetic relationships and
evolution. Mol. Phylogenet. Evol. 30, 213–225.
Brown, S., Rouse, G., Hutchings, P., Colgan, D., 1999.
Assessing the usefulness of histone H3, U2 snRNA and
28rDNA in analyses of polychaete relationships. Aust. J.
Zool. 47, 499–516.
Bubko, O.V., 1973. On the systematic position of Oweniidae
and Archiannelida (Annelida). Zool. Zh. 52, 1286–1296.Carlini, D.B., Graves, J.E., 1999. Phylogenetic analysis of
cytochrome c oxidase I sequences to determine higher-level
relationships within the coleoid cephalopods. Bull. Mar.
Sci. 64, 57–76.
Colgan, D.J., Ponder, W.F., Eggler, P.E., 2000. Gastropod
evolutionary rates and phylogenetic relationships assessed
using partial 28S rDNA and histone H3 sequences. Zool.
Scr. 29, 29–63.
Colgan, D.J., Hutchings, P.A., Brown, S., 2001. Phylogenetic
relationships within the Terebellomorpha. J. Mar. Biol.
Assoc. UK 81, 765–773.
Colgan, D.J., Ponder, W.F., Beacham, E., Macaranas, J.M.,
2003. Molecular phylogenetic studies of Gastropoda based
on six gene segments representing coding or non-coding
and mitochondrial or nuclear DNA. Moll. Res. 23,
123–148.
Eibye-Jacobsen, D., Kristensen, R.M., 1994. A new genus and
species of Dorvilleidae (Annelida, Polychaeta) from Ber-
muda, with a phylogenetic analyses of Dorvilleidae,
Iphitimidae and Dinophilidae. Zool. Scr. 26, 107–131.
Eibye-Jacobsen, D., Nielsen, C., 1996. The re-articulation of
annelids. Zool. Scr. 25, 275–282.
Erse´us, C., 2005. Phylogeny of oligochaetous Clitellata.
Hydrobiologia 535/536, 357–372.
Erse´us, C., Ka¨llersjo¨, M., 2004. 18S rDNA phylogeny of
Clitellata (Annelida). Zool. Scr. 33, 187–196.
Erse´us, C., Prestegaard, T., Ka¨llersjo¨, M., 2000. Phylogenetic
analysis of Tubiﬁcidae (Annelida, Clitellata) based on 18S
rDNA sequences. Mol. Phylogenet. Evol. 15, 381–389.
Field, K.G., Olsen, G.J., Lane, D.J., Giovannoni, S.J.,
Ghiselin, M.T., Raff, E.C., Pace, N.R., Raff, R.A., 1988.
Molecular phylogeny of the animal kingdom. Science 239,
748–753.
Folmer, O., Black, M., Hoeh, W., Lutz, R., Vrijenhoek, R.,
1994. DNA primers for ampliﬁcation of mitochondrial
cytochrome c oxidase subunit I from diverse metazoan
invertebrates. Mol. Mar. Biol. Biotech. 3, 294–299.
Franze˙n, (A., Ferraguti, M., 1992. Ultrastructure of spermato-
zoa and spermatids in Bonellia viridis and Hamingia arctica
(Echiura) with some phylogenetic considerations. Acta
Zool. 73, 25–31.
Gelder, S.R., Siddall, M.E., 2001. Phylogenetic assessment of
the Branchiobdellidae (Annelida: Clitellata) using 18S
rDNA and mitochondrial cytochrome c oxidase subunit I
and morphological characters. Zool. Scr. 30, 215–222.
Giribet, G., Distel, D.L., Polz, M., Sterrer, W., Wheeler, W.C.,
2000. Triploblastic relationships with emphasis on the
acoelomates and the position of Gnathostomulida, Cyclio-
phora, Platyhelminthes, and Chaetognatha: a combined
approach of 18S rDNA sequences and morphology. Syst.
Biol. 49, 539–562.
Giribet, G., Sørensen, M.V., Funch, P., Kristensen, R.M.,
Sterrer, W., 2004. Investigations into the phylogenetic
position of Micrognathozoa using four molecular loci.
Cladistics 20, 1–13.
Glasby, C., Hutchings, P., Hall, K., 2004. Phylogeny of the
Terebellidae (Terebellida: Terebelliformia): taxonomic
composition and limits of the family. J. Mar. Biol. Assoc.
UK 84, 961–971.
ARTICLE IN PRESS
D.J. Colgan et al. / Organisms, Diversity & Evolution 6 (2006) 220–235234Halanych, K.M., 1998. Considerations for reconstructing
metazoan history: signal, resolution, and hypothesis testing.
Am. Zool. 38, 929–941.
Halanych, K.M., 2005. Molecular phylogeny of siboglinid
annelids (a.k.a. pogonophorans): a review. Hydrobiologia
535/536, 297–307.
Halanych, K.M., Bucheller, J.D., Aguinaldo, A.M.A., Live,
S.M., Hillis, D.M., Lake, J.A., 1995. Evidence from 18S
ribosomal DNA that the lophophorates are protostome
animals. Science 267, 1641–1643.
Halanych, K.M., Feldman, R.A., Vrijenhoek, R.C., 2001.
Molecular evidence that Scerolinum brattstromi is closely
related to vestimentiferans, not to frenulate pogonophorans
(Siboglinidae, Annelidae). Biol. Bull. 201, 64–75.
Halanych, K.M., Dahlgren, T., McHugh, D., 2002. Unseg-
mented annelids? Possible origins of four lophotrochozoan
worm taxa. Int. Comp. Biol. 42, 678–684.
Hall, K.A., Hutchings, P.A., Colgan, D.J., 2004. Phylogeny of
the Polychaeta inferred using 18S rDNA sequence data.
J. Mar. Biol. Assoc. UK 84, 949–960.
Hatschek, B., 1893. System der Anneliden, ein vorla¨uﬁger
Bericht. Logos, Berlin.
Hausen, H., 2005. Chaetae and chaetogenesis in polychaetes
(Annelida). Hydrobiologia 535/536, 37–52.
Hessle, C., 1917. Zur Kenntnis der terebellomorphen Poly-
chaeten. Zool. Bidr. Uppsala 5, 39–258.
Hessling, R., 2003. Novel aspects of the nervous system of
Bonellia viridis (Echiura) revealed by the combination of
immunohistochemistry, confocal laser-scanning micro-
scopy and three dimensional reconstruction. Hydrobiologia
496, 225–239.
Hessling, R., Westheide, W., 1999. CLSM-analysis of devel-
opment and organisation of the central nervous system in
the echiurids Bonellia viridis and Urechis caupo. Zoology
102 (Suppl. II), 79.
Hessling, R., Westheide, W., 2002. Are Echiura derived from a
segmented ancestor? Immunohistochemical analysis of the
nervous system in developmental stages of Bonellia viridis.
J. Morphol. 252, 100–113.
Holthe, T., 1986. Evolution, systematics and distribution of
the Polychaeta Terebellomorpha, with a catalogue of the
taxa and a bibliography. Gunneria 55, 1–236.
Huelsenbeck, J.P., Ronquist, F.R., 2001. MRBAYES: Baye-
sian inference of phylogeny. Bioinformatics 17, 754–755.
Huff, S.W., Campbell, D., Gustafson, D.L., Lydeard, C.,
Altaba, C.R., Giribet, G., 2004. Investigations into the
phylogenetic relationships of freshwater pearl mussels
(Bivalvia: Margaritiferidae) based on molecular data:
implications for their taxonomy and biogeography.
J. Moll. Stud. 70, 379–388.
Irvine, S.Q., Chaga, O., Martindale, M.Q., 1999. Larval
ontogenetic stages of Chaetopterus: developmental hetero-
chrony in the evolution of chaetopterid polychaetes. Biol.
Bull. 197, 319–331.
Jo¨rdens, J., Struck, T., Purschke, G., 2004. Phylogenetic
inference regarding Parergodrilidae and Hrabeiella peri-
glandulata (‘Polychaeta’, Annelida) based on 18S rDNA,
28rDNA and COI sequences. J. Zool. Syst. Evol. Res. 42,
270–280.Kenchington, E.L.R., Landry, D., Bird, C.J., 1995. Compar-
ison of taxa of the mussel Mytilus (Bivalvia) by analysis
of the nuclear small-subunit rRNA gene sequence. Can.
J. Fish. Aquat. Sci. 52, 2613–2620.
Kim, C.B., Moon, S.Y., Gelder, S.R., Kim, W., 1996.
Phylogenetic relationships of annelids, molluscs, and
arthropods evidenced from molecules and morphology.
J. Mol. Evol. 43, 207–215.
Light, J.E., Siddall, M.E., 1999. Phylogeny of the leech family
Glossiphoniidae based on mitochondrial gene sequences
and morphological data. J. Parasitol. 85, 815–823.
Maddison, W.P., Maddison, D.R., 1992. MacCLADE, version
3.0. [Computer Software and Manual]. Sinauer Associates,
Sunderland, Mass.
Martin, P., 2001. On the origin of the Hirudinea and the
demise of the Oligochaeta. Proc. R. Soc. London B 269,
1089–1098.
Martin, P., Kaygorodova, I., Sherbakov, D.Y., Verheyen, E.,
2000. Rapidly evolving lineages impede the resolution of
phylogenetic relationships among Clitellata (Annelida).
Mol. Phylogenet. Evol. 15, 355–368.
McHugh, D., 1997. Molecular evidence that echiurans and
pogonophorans are derived annelids. Proc. Natl. Acad. Sci.
USA 94, 8006–8009.
McHugh, D., 2000. Molecular phylogeny of the Annelida.
Can. J. Zool. 78, 1873–1884.
Mead, A.D., 1897. The early development of marine annelids.
J. Morphol. 13, 227–326.
Meyer, R., Bartolomaeus, T., 1996. Ultrastructure and
formation of the hooked setae in Owenia fusiformis delle
Chiaje, 1842: implications for annelid phylogeny. Can.
J. Zool. 74, 2143–2153.
Moon, S.Y., Kim, C.B., Gelder, S.R., Kim, W., 1996.
Phylogenetic position of the aberrant branchiobdellans
and aphanoneurans within the Annelida as derived from
18S ribosomal RNA gene sequences. Hydrobiologia 324,
229–236.
Newby, W.W., 1940. The embryology of the echuiroid worm
Urechis caupo. Mem. Am. Philos. Soc. 16, 1–219.
Nielsen, C., 1995. Animal Evolution: Interrelationships of the
Living Phyla. Oxford University Press, Oxford.
Nylander, J.A.A., Erse´us, C., Ka¨llersjo¨, M., 1999. A test of the
monophyly of the gutless phallodriliinae (Oligochaeta,
Tubiﬁcidae) and the use of a 573 base pair region of the
mitochondrial cytochrome oxidase I gene in analysis of
annelid phylogeny. Zool. Scr. 28, 305–313.
Okusu, A., Schwabe, E., Eernisse, D.J., Giribet, G., 2003.
Towards a phylogeny of chitons (Mollusca, Polyplaco-
phora) based on combined analysis of ﬁve molecular loci.
Org. Divers. Evol. 3, 281–302.
Persson, J., Pleijel, F., 2005. On the phylogenetic relationships
of Axiokebuita, Travisia and Scalibregmatidae. Zootaxa
998, 1–14.
Pilger, J.F., 1993. Echiura. In: Harrison, F.W., Rice, M.E.
(Eds.), Microscopic Anatomy of Invertebrates, Vol. 12,
Onychophora, Chilopoda and Lesser Protostomata. Wiley-
Liss, New York, pp. 185–236.
Posada, D., Crandall, K.A., 1998. MODELTEST: testing the
model of DNA substitution. Bioinformatics 14, 817–818.
ARTICLE IN PRESS
D.J. Colgan et al. / Organisms, Diversity & Evolution 6 (2006) 220–235 235Purschke, G., 2002. On the ground pattern of Annelida. Org.
Divers. Evol. 2, 181–196.
Purschke, G., Westheide, W., Rohde, D., Brinkhurst, R.O.,
1993. Morphological reinvestigation and phylogenetic
relationship of Acanthobdella peledina (Annelida, Clitella-
ta). Zoomorphology 113, 91–101.
Purschke, G., Hessling, R., Westheide, W., 2000. The
phylogenetic position of the Clitellata and the Echiura –
on the problematic assessment of absent characters. J. Zool.
Syst. Evol. Res. 38, 165–173.
Rieger, R.M., 1976. Monociliated epithelial cells in Gastro-
tricha: signiﬁcance for concepts of early metazoan evolu-
tion. Z. Zool. Syst, Evol. Forsch. 14, 198–226.
Rota, E., Martin, P., Erse´us, C., 2001. Soil dwelling
polychaetes: enigmatic as ever? Some hints on their
phylogenetic relationship as suggested by a maximum
parsimony analysis of 18s rRNA gene sequences. Contrib.
Zool. 70, 127–138.
Rouse, G.W., 1999. Trochophore concepts: ciliary bands and
the evolution of larvae in spiralian Metazoa. Biol. J. Linn.
Soc. 66, 411–464.
Rouse, G.W., 2001. A cladistic analysis of Siboglinidae
Caullery, 1914 (Polychaeta, Annelida): formerly the phyla
Pogonophora and Vestimentifera. Zool. J. Linn. Soc. 132,
55–80.
Rouse, G.W., Fauchald, K., 1997. Cladistics and polychaetes.
Zool. Scr. 26, 139–204.
Rouse, G.W., Pleijel, F., 2001. Polychaetes. Oxford University
Press, Oxford.
Rouse, G.W., Pleijel, F., 2003. Problems in polychaete
systematics. Hydrobiologia 496, 175–189.
Salvini-Plawen, L. von, 2000. What is convergent/homoplastic
in Pogonophora? J. Zool. Syst. Evol. Res. 38, 133–147.
Schulze, S.R., Rice, S.A., Simon, J.L., Karl, S.A., 2000.
Evolution of poecilogony and the biogeography of North
American populations of the polychaete Streblospio.
Evolution 54, 1247–1259.
Schweigkoﬂer, M., Bartolomaeus, T., Salvini-Plawen, L. von,
1998. Ultrastructure and formation of hooded hooks in
Capitella capitata (Capitellidae, Annelida). Zoomorphology
118, 11–28.
Siddall, M.E., Apakupakul, K., Burreson, E.M., Coates, K.A.,
Erse´us, C., Gelder, S.R., Ka¨llersjo, M., Trapido-Rosenthal,
H., 2001. Validating Livanow: molecular data agree that
leeches, Branchiobdellidans, and Acanthobdella peledina
form a monophyletic group of oligochaetes. Mol. Phylo-
genet. Evol. 21, 346–351.Smith, P.R., Ruppert, E.E., Gardiner, S.L., 1987. A deutero-
stome-like nephridium in the mitraria larva of Owenia
fusiformis (Polychaeta, Annelida). Biol. Bull. 172, 315–323.
Steiner, G., Hammer, S.E., 2000. Molecular phylogeny of the
Bivalvia inferred from 18S rDNA sequences, with parti-
cular reference to the Pteriomorpha. In: Harper, E., Crame,
A. (Eds.), The Evolutionary Biology of the Bivalvia, vol.
177. Geological Society of London Special Publication,
pp. 11–29.
Struck, T., Hessling, R., Purschke, G., 2002a. The phyloge-
netic position of the Aeolosomatidae and Parergodrilidae,
two enigmatic oligochaete-like taxa of the ‘‘Polychaeta’’,
based on molecular data from 18S rDNA sequences.
J. Zool. Syst. Evol. Res. 40, 155–163.
Struck, T., Hessling, R., Purschke, G., 2002b. Progenesis in
Eunicida (‘‘Polychaeta’’, Annelida) – separate evolutionary
events? Evidence from molecular data. Mol. Phylogenet.
Evol. 25, 190–199.
Swofford, D.L., 2001. PAUP*. Phylogenetic Analysis Using
Parsimony (* and Other Methods), version 4b10. Sinauer
Associates, Sunderland, MA.
Thompson, J.D., Gibson, T.J., Plewniak, F., Jeanmougin, F.,
Higgins, D.G., 1997. The CLUSTAL X windows interface:
ﬂexible strategies for multiple sequence alignment aided by
quality analysis tools. Nucl. Acids Res. 25, 4876–4882.
Trontelj, P., Sket, B., Steinbrueck, G., 2001. Molecular
phylogeny of leeches: congruence of nuclear and mitochon-
drial rDNA data sets and the origin of bloodsucking.
J. Zool. Syst. Evol. Res. 37, 141–147.
Tzetlin, A.B., Zhadan, A.S., Ivanov, I., M +uller, M.C.M.,
Purschke, G., 2002. On the absence of circular muscle
elements in the body wall of Disponetus pygmaeus
(Chrysopetalidae, ‘Polychaeta’, Annelida). Acta Zool. 83,
81–85.
Westheide, W., 1997. The direction of evolution within the
Polychaeta. J. Nat. Hist. 31, 1–15.
Winnepenninckx, B., Backeljau, T., De Wachter, R., 1995.
Phylogeny of protostome worms derived from 18S rRNA
sequences. Mol. Biol. Evol. 12, 641–649.
Worsaae, K., Kristensen, R.M., 2005. Evolution of interstitial
Polychaeta (Annelida). Hydrobiologia 535/536, 319–340.
Zrzavy´, J., Hypsˇa, V., Tietz, D.F., 2001. Myzostomida are
not annelids. Molecular and morphological support for a
clade of animals with anterior sperm ﬂagella. Cladistics 17,
170–198.
